Systems consolidation is a process involving the stabilisation of memory traces in the neocortex over time. The medial prefrontal cortex becomes increasingly important during the retrieval of older memories, however the timescale of its involvement is unclear, and the contribution of other neocortical brain regions to remote memory have received little attention. The Immediate Early Genes (IEGs) Zif268, c-Fos and Arc have been utilised as markers of neural activity during spatial memory retrieval, however the lack of a direct comparison between them hinders the interpretation of results. To address these questions, we examined the expression of Zif268, Arc and c-Fos protein in the medial prefrontal cortex, as well as the hippocampus, and the entorhinal, perirhinal, retrosplenial and parietal cortices of male Wistar rats following a probe trial of the Morris water maze either one day, seven days, 14 days or 30 days after acquisition. Activity of the medial prefrontal cortex during retrieval, as measured by all three IEGs, increased in correspondence with the age of the memory, reaching significance between 14 and 30 days. Similar increases in c-Fos and Arc were observed over the course of consolidation in other neocortical and parahippocampal areas, however this pattern was not observed with Zif268. Activity of the hippocampus remained largely unchanged across retention intervals. These findings suggest that systems consolidation of spatial memory takes at least two weeks, are consistent with an ongoing role for the hippocampus in the retrieval of spatial memory, and suggest that c-Fos and Arc may be a more sensitive measure of neural activity in response to behavioural tasks than Zif268.
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Introduction
Newly acquired memories are thought to depend primarily on the hippocampus for their successful retrieval, whereas the neocortex assumes this responsibility over the course of time, in a process known as systems level consolidation (Frankland & Bontempi, 2005) . However, whether or not the role of the hippocampus in retrieving detailed episodic and spatial memory is time-limited (Squire, 1992) or permanent (Nadel & Moscovitch, 1997) remains an open debate. There exists neuropsychological evidence to support both views (Squire & Bayley, 2007; Winocur & Moscovitch, 2011) , and studies of spatial memory in animals have also proven inconclusive. Hippocampal lesions spare remote spatial discrimination memory (Maviel, Durkin, Menzaghi, & Bontempi, 2004) , but not allocentric spatial memory in the Morris water maze (Broadbent, Squire, & Clark, 2006) . Contextual fear memories can be abolished by pharmacological inactivation (Cullen, Gilman, Winiecki, Riccio, & Jasnow, 2015) or optogenetic inhibition (Goshen et al., 2011) of area CA1 in the hippocampus for prolonged retention intervals of up to 12 weeks. Furthermore, the precision of remote spatial memory in the water maze, and contextual fear memory, is associated with the extent of long-term structural plasticity in area CA3 (Ruediger et al., 2011) .
The neocortical structures supporting remote spatial memory have not been clearly defined, although inactivation of the anterior cingulate cortex disrupts remote memories while leaving recent memories intact (Teixeira, Pomedli, Maei, Kee, & Frankland, 2006) . However, this region may play a role in both recent and remote recall of spatial memory in the water maze (Leon, Bruno, Allard, Nader, & Cuello, 2010) . Therefore it is unclear how long it takes for newly acquired spatial memories to become dependent on extrahippocampal structures. Studies investigating systems consolidation in animals normally regard one and 30 days as recent and remote retention, respectively. However, attempts to disrupt spatial memory consolidation in first few weeks following
